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CHHINTHATBHOE Pa3BUTHE SBILIETCS XapaKTEPHOH 0COOCHHOCTBIO PaHHEr0 IMOPHOTeHe3a U ClepMaTore-
Hesa y Drosophila melanogaster. Bee 5IeMEHTBI CHHITUTHSI CBSI3aHbI MEX/TY OO0 eIMHON IUTOCKENICTHOI ce-
ThbIO, YTO CO3ACT I HUX PAaBHBIC YCIIOBUA U 06ecneanaeT CHUHXPOHHOCTb pa3BUTHA. ]_II/ITOCKCIIGT HeO6XO}1HM
JUIA O6paSOBaHI/Iﬂ u q)yHKLlPIOHl/lpOBaHl/lﬂ BEPETCH ACJICHUS, 3JICMCHTBI HUTOCKEJIETA CJIYy>KAaT OCHOBHBIM CTPYK-
TYPHBIM KOMIIOHEHTOM PECHHYEK U KTYTHKOB, OT IIATOCKEETA 3aBUCAT BHYTPH- U MEXKKJICTOYHBIH TPAHCIIOPT
1 Mop(hooOpa3oBaTeNbHBIC MPOLECCHl KaK B MpPeeiax OTACIBHON KICTKH, TaK U HA YPOBHE OpraHu3Ma B Iie-
nom. ['en sbr (small bristles) y apozobuinst D. melanogaster NpuHAAICKUT K SBOJIOLUOHHO KOHCEPBATHUBHOMY
cemeiicTBy nxf (nuclear export factor). I'en Dm nxfI (sbr), Kak u €ro OpTOJIOTH y IPyTUX OPraHU3MOB, KOHTPO-
nupyer skenopt Beex nonu(A)-conepkamunx PHK u3 siipa B HUTOIIA3My, II03TOMY COOTBETCTBYIOLINE OEIIKH
00BIYHO JIOKAJIHU3YIOTCS B SPE HIIH C COCTaBE siAePHO 000s1049ku. Mbl okasaiu, 4yro 6enok SBR nokanusyer-
sl HE TOJIBKO B sIpe, HO M B IIUTOIIa3Me, BBISBIISIS XapaKTepHbIC LUTOILIA3MAaTHYECKHE CTPYKTYpbl. IToka3aH-
HbIC HAMH HapyLICHHsS LIUTOCKEIeTa y MyTaHTOB 110 TeHy sbr (Dm nxfl) y D. melanogaster v qutoria3MaTuye-
ckast Jokanu3anus 6enka SBR Hapsiay ¢ ero mpucyTCTBHEM B SAPE WIIH B pailOHE s,ACPHOM 000JI0UKH 1T03BOJIS-

Tom 57, Ne 4

0T CBA3bIBATH CIICHHUAIU3UPOBAHHBIC (1)yHKIII/II/I 3TOro O€enKa ¢ JIHHAMHKOH IUTOCKEIIETA.

Knwuessie crnoBa: small bristles, nuclear export factor 1, Drosophila melanogaster, sm0Opuorenes,

CIIEpMATOreHes, CHHHHTHﬁ, IMUTOCKCIICT.

punsteie cokpamenns: MPHK — matpuunas win nadopmanoHHas pubOHyKISHHOBAs KHCIOTA,
PHIT — pubGonykieonporenHoBbiii komrieke, NXF (nuclear export factor) — dakrop simepHoro skcmopra
MPHK, sbr — small bristles, Dm — Drosophila melanogaster.

I'ern Dm nxfI (nuclear export factor), y aposodussr Dro-
sophila melanogaster ucxonno Ha3BaHHbIH sbr (small brist-
les), MpUHAIEKHUT K HBOJIOIMOHHO KOHCEPBATHBHOMY Ce-
MeicTBy nxf (nuclear export factor). Kak u ero opronoru y
JIpYTHX OpraHu3MoB, Dm nxfI OoTBedaeT 3a TPaHCHOPT pas-
maHBIX onu(A)-copepkanmx PHK u3 sapa B nurormasmy
(Herold et al., 2001). bexrox NXF1 oTHOCST K TpaHCIIOPTHBIM
peuentopam MPHK, mockonbky OH COCTOMT U3 JIOMEHOB,
obecreunBaronmx cBsa3b ¢ PHK, u J10MeHOB, BOBIIEUEHHBIX
BO B3aUMOJICIICTBHE C HYKJICONOPHHAMH — O€JIKaMu sep-
HBIX TTOPOBEIX komIutekcoB (puc. 1) (Herold et al., 2000; Fri-
bourg et al., 2001). Dxcnopt MPHK u3 sinpa ocymectBisieres
¢ yuactueM Oenka NXF1, KOTOpBIi, Kak MpaBHiIo, B3aUMO-
neiictyer ¢ MPHK uepe3 anantopusie Oenku (Stutz et al.,
2000; Rodrigues et al., 2001; Huang et al., 2004; Hautbergue
et al., 2008). AmanTopHBIe OETKM B OCHOBHOM UMEIOT CPOJICT-
Bo K N-tepmunanbHoil monoBuHe Oenmka NXF1 (Stutz et al.,
2000; Lai et al., 2006). BrinosHeHNIO TPaHCTIOPTHBIX (QYHK-
it NXF1 crmocobcTByeT ero B3amMmojeiicTBue C OENIKOM
pl5, nmeromum eme ogao HazBaHue — NXT1 (NTF2-related
export protein 1) (Katahira et al., 2002; Wiegand et al., 2002).
Obnactp B3ammozencTBus ¢ pl5 mpuxoantcs Ha NTF2-mo-
no6HbI nomeH (nuclear transport factor 2). Jomen NTF2
HMEET NMPOKAPUOTHYECKOE MTPOUCXOKACHHE, H, YIUTBIBAs €r0
(YHKIMH y ITPOKApHOT U OCOOEHHOCTH CTPYKTYPbI, MOKHO
HoJiarath, YTO OH OTBEYACT 33 3HAYMTEJIbHOE pa3HOoOOpa3ue
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9H3UMAaTHYECKUX (QYHKIHMH 1 OeJI0K-OEIKOBBIX B3aUMO eI CT-
BHﬁ, Cp€ar KOTOPBIX 3BOJIOIIMOHHO APCBHUM SABJIACTCA B3aU-
MOJIeiCTBHE C pa3IMYHBIMU MpoTeHHKHUHAa3aMu (Mans et al.,
2004). SnepHO-UIMTOIIA3MATHYECKAN TPAHCIOPT YCIEIIeH
TonmbKO Tpu Hanmunyd B Oenke NXF1 obomx mOMEHOB —
NTF2-momo6noro u UBA-momo6HOTO (Uubiquitin-associa-
ted-like — yoMeH yOMKBUTHHHPOBAHUS), XOTSI MOXET OCY-
MECTBJIATECA U B TOM ClIy4da€, Korjga B Oeske COACPIKUTCA
OJIMH U3 3THUX JIOMEHOB, HO B YZIBOGHHOM YHCII€, €CJIU OTCYT-
cTByeT Bropoi (Braun et al., 2002).

B muronnasme tpancisiuus MPHK compoBoxpaercs ee
ocBoOokeHreM u3 komruiekca MPHII, a NXF1 mepemeria-
eTcst 00partHo B sipo (Bear et al., 1999; Katahira et al., 1999).
Jonroxuymue MPHK coxpaHsroTcsi B cOCTaBe KOMILJIEKCOB,
B3anMoJIelicTBYS ¢ Oenmkammu, nematommmvu MPHK Bpemenno
HEJIOCTYIHBIMU JJIsl TPAHCIIALNH, @ TAKXKE KOHTPOIHNPYIOIIH-
MH HX TPAHCIIOPT M JJOCTaBKY B OIPE/ICJICHHBIH KIETOYHBINA
KOMITaPTMEHT, 00ECIICUNBAIONIMMHI 3asKOPHBAHUE KOMILJICK-
ca MPHII B Hy>)kHOM MecTe U pa3pelieHre TPaHCIALUU 110CTIe
nojyueHus: coorBeTcTBytoniero curnana (Besse, Ephrussi,
2008). CymectBoBanue nonroxxkuBynmx MPHK, crmocoOHBIx
K PeryJIupyemMoi TpaHCISIINN, OCOOCHHO aKTyalbHO B TIEPHO-
JIbl BPEMEHHOT'O 3allpeTa Ha TPAHCKPHITIHIO. Y Tpo30(QHIIBI K
TaKUM IIEPUOAAaM Pa3BUTHSI OTHOCSTCS paHHHUN SMOpHOTeHe3,
0OTeHe3 U CIEPMUOreHe3 — Kak (hPMHAIbHAsl CTaJusl cliepMa-
TOreHe3a, HAUMHAIOIIASICS CO CTa UK OKPYTIIBIX CIIEPMATH] 1
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3aKaHYMBAOLIasACs (HPOPMHUPOBAHMEM 3PETIOTr0 MOABHIKHOTO
crepMaTo3onaa. OTH MEPUObl Pa3BUTHS OOBEANHSCT U elle
0JIHa 0COOEHHOCTh — CYIIECTBOBAaHHUE CHHIUTHS. B criepma-
torenese D. melanogaster B pe3ylbTaTe TpeX IOCIE0Ba-
TEJIbHBIX CUHXPOHHBIX MUTOTHYCCKUX U ABYX MENOTHYECKUX
JeNIeHI 00pa3yroTCs UCTHI, COCTOSMNE U3 64 KIETOK, Mpe-
TEpPIEBIINX HETOJHBIN IUTOKNHE3. B panHem sMOpuorenese
B 00IIIel [IUTOILIa3ME MTPOUCXOAT JeTICHNUs aep, He 000c00-
JICHHBIX IPYT OT Jpyra KJIeTOYHOH MeMOpaHoii. B oboux ciy-
Yasx CHUHUUTHI pa3BHBAETCS KaK €IMHOE LEJIOe, MPOSBIISS
YIAUBUTEIBHYI0 CHUHXPOHH3ALMIO IPOLECCOB, MPOTEKAIOIIMNX
B KaQXX/IOM 3JIEMEHTE CHHIIUTHSL.

Mpbl oOpaTwiii BHHMaHHE HA TO, YTO HApyLICHHE CHH-
XPOHHOCTH SIBJISICTCS. OCHOBHON aHOMaJIMEH B Ha3BaHHBIC Iie-
PHO/IBI CHHIMTHAIBHOTO Pa3BUTHSL y MYTAHTOB 110 TeHY sbr
(Dm nxfT) (Golubkova et al., 2006). JIist TOro 4TOOBI HOHSTH
poib rena sbr (Dm nxfl) B CHHINTHAILHOM Pa3BUTHH, B Ha-
croAmel paboTe MBI aHAIM3UPOBAIN paclpesieneHne Oemka
Dm NXF1 B panHHX 3MOpHOHAaX M B IIHCTaX CEMCHHHUKOB
D. melanogaster, a Taxxxe xapakTep HapyIICHUI Y MyTaHTOB
TI0 HCCIIElyeMOMY TeHY.

MaTepnaJI H METOAuKa

Vcnons3oBanmu Tpu nuauu D. melanogaster: cTanmapT-
HyI0 1a00paTopHyo JHHHUIO AUKOro Thna Oregon R; nuHHIO
sbr'2, mecymyro myrtanumio B rene Dm nxfl (I(1)24/454
(sbri2)/[FM6, y3'd scS dm B), n TUHAIO, HECYIIYIO HYJICBOH all-
nens reHa Dm nxfl — peneuuto Df(I)vE4 (Df(I)v4, ras
mP/FM61.,y314 sc$ dm B/Dp(l; Y) vt y*).

JKu3HecrnmocoOHBIX CaMIlOB ¢ MyTalued sbr!? mosryqanu
ITyTeM CKPEIIUBaHUA caMoK [(1)24/45A4 (sbr!2)/FM6, y3'd scs
dm B c cammamu Df(1)vt4, ras mP / Dp(1; Y) v* y*. Camupsl ¢
MyTanuei sbr'2, moaydeHHbIE B MOTOMCTBE, OTJIIMYAIOTCS OT
OCTJILHBIX TEM, YTO UMEIOT OKpPYIJIbIE IJia3a.

NUMMYHOUUTONOIMYECKUN aHaAJIU3 JIOKAIU3a-
1uu 6enika DmNXF 1 poBOIIIIN B TKAHSIX CCMEHHUKOB, STHY-
HUKOB W B 3MOpHOHAX 10 CTAOWH CHHIWUTHAIHHON OracTto-
JICPMBI.

CeMEeHHUKH BBIACIANHN U3 3—5-CyTOUHBIX CaMIIOB
U JTMYUHOK 3-ro Bo3pacta D. melanogaster. IlpenapupoBaiu
CeMCHHUKUA B (usmosorudeckom pactBope (testis buffer:
183 MM KCl, 47 MM NaCl u 10 MM Tris-HCI, pH 6.8). ®uk-
cHpoBau TKaHb B 4%-HOM napadopMalbAeruic B TEUCHHUE
7 muH, otMbiBan B pactBope PBST (0.1 % Tween-20 B doc-
¢darnom Oydepe PBS; Ashburner, 1989). B kauecte 6io-
KHPYIOILIETO peareHTa MCHoiIb30Bau 3%-Hbli ObIYMI CHIBO-
porounsiii anpoymun (BCA) B PBST. Muky0anuio ¢ nepsbl-
mu antutenamu (passenenue | : 400 B PBST, conmepkaiiem
BCA), noxy4eHHBIMH HaMH Y MBIIIEH WX KPOJIHKA, IPOBO-
numd B Tederne Houd npu 4 °C. OTMBIBKY OT TIEPBBIX aHTH-
TeJ ocymecTBIsuTH B pactBope PBST. Muky6aruro co BTopsI-
MU aHTUTEJIaMH (K UIMMYHOTJIOOYJIMHAM MBILIN MM KPOJIUKA)
npoBomin B pactBope PBST, conepxamem BCA, B Teuenue
1 u mpu 37 °C. Bropsle aHTHTENIa, MECUCHHBIC (ITyOpOXpoMa-
mu Alexa Fluor 488 wnm Alexa Fluor 546, Opmit oT prpmbl
Invitrogen (CIHA). ITocie OTMBIBKH OT BTOPBIX QHTUTEN B
PBST cemennukn wuHKyOupoBanmn c Kpacurenem DAPI
(4',6-diamidino-2-phenylindole) (1 mxr/min B PBST) B Teue-
Hue 10 muH, otmbiBanu | pa3 B PBS u 3akmrodanu mox mo-
KpoBHOe crekio B cpeny Vectashield (CILA). ITpenapats
AQHAIM3HPOBATIN C IOMOIIBIO KOH(OKAIBHOI'O MHUKPOCKOIA
Leica TCS SP5 B IKII «Xpomac» (LlenTp mccremoBanus
YIBTPACTPYKTYPhl M MOJIEKYJISIPHOTO cOCTaBa Omojornye-

— 1RBD | TaxIRRH  NTF2-like

| ]
|

JloMensl, JloMensl,
obeceunBaroIme BOBJICUCHHEIES
¢Ba3b ¢ PHK BO B3aUMOJICHCTBHEC

¢ HYKJICOTIOpUHAMH

Puc. 1. lomennas crpykrypa Gemka NXF1.

RBD — PHK-cBs3pBaronuii fomen (RNA-binding domain), LRR (leuci-

ne-rich repeats) — nomeH seitnHOBBIX TOBTOpOoB, NTF2-like (nuclear trans-

port factor 2-like) — nomeH, mogoOHbIH TOMEHY B (hakTOpe SACPHOIO TPAHC-

nopta 2, UBA-like (ubiquitin-associated like) — momeH, mo100HBII B3auMo-
JIefCTBYOLIEMY C YOUKBUTHHOM.

CKUX 00BEKTOB mpHu Ouosornueckom dakyiprere C.-Iletep-
OyprcKoro rocyJ1apcTBEHHOTO YHUBEPCHUTETA).

SAMYHUKHA BBIACNANU U3 3—5-CyTOUHBIX CaMOK B
pactBop PBS u 20 Mk ero noMeniaay Ha MOKPOBHOE CTEKIIO
n odasisun 10 Mk cmecu 15 % akpuiiamuy/Onc-akpuiaaMu-
na, 1 % nepcynbdara ammonus u 1 % cynbpura Harpus. Co-
JIEPI)KUMOE KaIuTi HAaKPbIBAJIH JIPYTUM MTOKPOBHBIM CTEKIIOM U
OCTaBISUM Ha | 4 U1 nonuMepusatui. Jlagee cHUManu Bepx-
HEe CTEKJIO M aKpWJIAMHIHBIC «TaOJICTKW», MPUKPEIUICHHbIC
K MIOKPOBHOMY CTEKJTy, IoMeInany B qamku Ilerpn (nnamer-
pom 35 mm). JIBaxs! o 10 muH naKyOHMpoBaym B PBS, 3a-
TeM B TedeHue | 4 nHKyOupoBamu B PBS, conepxamem 1 %
Triton X-100 u 1 MM EDTA. B kadyecTBe OJ10KHUpPYIOIIETO pe-
arenTa ncnonb3oBain 3%-ueiii BCA B PBST; 6moxupoanu B
TedyeHnue 2 4. Jlamee nHKyOMpOBaIM C pacCTBOPOM aHTHUTEN K
¢parmenty 6enka DmNXF1 8 PBST ¢ 3 % BCA (pa3Benenue
anruten 1:100) Bo BiaxkHOW Kamepe | 4 mpu KOMHATHOU
Temneparype u Houb npu 4 °C. 3aTeM ynansiii pacTBOp aH-
TUTEN U JBaXsl o 1 4 uakyOuposanu B PBST. B kauectse
BTOPBIX HCIIOJIb30BAJIM AHTUTENA, MEYEHHBIE ()IIyOPOXPOMOM
Alexa Fluor 488, pa3Bommimm ux B 6mokupyromem 0ydepe n
MHKYOMpOBAJIM TIpeTapaThl B TEUCHHWE 3 4 NMPH KOMHATHOM
temrepatype. OTMBIBaNIM Ipenapar OT BTOPBIX AHTHUTEN B
PBST 1 u. IIpenaparsl nakyoupoBaiu ¢ DAPI (1 mxr/mi B
PBST) B Teuenne 30 MuH, orMbiBaiu | pa3 B PBS u 3akmioua-
JIM TI0J] TIOKPOBHOE CTEKJIO B cpeay Vectashield (CIIA).

HOasg nonydeHHusI SMOPHOHOB CaMOK ITOMEIIAJIHN C
caMIlaM{ B CTEKJISTHHBIC KOHTEHHEPHI C IByMs KallpOHOBBIMHU
pykaBamu eMmKkocThio 1.5 5. Ha miactuHkm ¢ arapom cobu-
panu KIagku B TedyeHue 15 MuH, 3aTeM siilia MHKyOUpOBaIu
HeoOxoaumoe Bpemsi. [lepen okpackoil yaassiii XOpHOH T'H-
HOXJIOPUTOM HATpusi (MOXHO HCIIOIb30BaTh OOBIUHBIM XO-
3SMCTBEHHBIN oOTOenmBarenb «bennsHa», pa3BeleHHBIH B
2—4 paza). 3aTeM JE€XOPHOHM3UPOBAHHBIE AMOPHOHBI He-
CKOJIbKO pa3 npombiBaiu PBS u ¢pukcuposanu 20—30 muH B
cmecH 4%-Horo napadopmalbiernia 1 rerntada B COOTHOIIe-
Huu 1 : 1 ¢ mepeMenmBaHueM. 3aTeM yaalsuid BOIHYHO (a3y,
cozepxairyro Gpukcarop, 100aBISLUIH PaBHBIA 00BEM METaHO-
Ja U Pe3KO BCTPSAXUBAIM JUIS yJAJICHUs] BUTEIIINHA. OMOPHO-
HBI 0€3 BUTEIIMHOBOM OOOJIOYKH OMYCKAarOTCS Ha JHO IPO-
Oupky. DMOPHOHBI ITPOMBIBAIM METAHOJIOM 3 pa3a, HX MOXK-
HO HCIIONIB30BaTh Cpazy WIM XPaHUTb B METaHONIE IpHU
—20 °C. Ilepen nanbHEHIINMH MaHUITYJIALUSMH COBEPINAIH
npoBoaky 1o criuptam (70, 50 u 30%-HOMy MeTaHOIy) st
peruapaTanuy u 3aTeM IpOMBIBAIN BooH. Jlanee sMOpHOHBI
obpabateBani 5%-upiM BCA B PBST, nnkyOupoBanu ¢ an-
TUTEJIaMH ¥ TOTOBWJIM MPENapaThl, KaK ONMUCAHO BHIIIE.

DyeKkTpoHHAsI MUKPOCKOMNHUS. CEMEHHUKH BbIJIC-
T M3 3—S5-CcyTo4HBIX camiioB D. melanogaster. Ilpenapu-
pOBaJM CEeMEHHUKH B (DHU3MOJIOTHUECKOM pacTBope (testis
buffer, cMm. BBIIe), TIIATENFHO YA CEMEHHBIC MY3BIPHKH,
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Puc. 2. SliiueBas xamepa u3 suaHuKa Drosophila melanogaster.

a — oxpacka JIHK (cunuii ysem DAPI), onunnas cmpenxa yka3sBaeT Ha s{pa IIATAIOIINX KIETOK, 20.106KA CMpeKy — Ha AP0 OOLUTA; 6 — 3e1eHds OKpacKa

aHTu-SBR, BTOpHIe anTuTena MeueHsl Alexa Fluor 488, siipa nuraromux kiieTok odorameHs! 6enkoM SBR, KoTopblii 3aHHMaeT MPOCTPAHCTBO, CBOOOIHOE OT

xpoMocoMm. BujiHa kapuocoma, 3aHMMaroIas 4acTh siipa 00LuTa, cB000AHY0 0T SBR; 6estok SBR npucyTcTBYeT Kak B palloHe siIepHON 000I0YKH, TAK U B ¥~
TOIJIa3ME OOLIUTA U MUTAIOUIMX KIETOK. Macuimabnwiii ompezok — 20 MKM.

MIPUAATOYHBIC JKEJIE3bl, CeMSM3BEPraTesIbHbII KaHal U JIpy-
T'He COCTABIISIONIME ITOJIOBOH CHUCTEMbI camIiia. PUKCHPOBAIH
TKaHb B 2%-HOM riyrapoBoM anpaeruae Ha 0.1 M docdar-
HoM Oydepe (pH 7.2) u nocrdukcuposanu B 1%-nom OsO,
Ha ToM ke Oydepe B Teuenue 16 u mpu 4—6 °C. Marepuan
npomeiBan 0.1 M ¢dochatasim 6ydepom (pH 7.2) u 06e3Bo-
KHMBAJIM B CEPUU CHHMPTOB BO3PACTAIONINX KOHLEHTPALUH H
areToHe. 3aTeM TKaHb 3aKITI0YAIH B CMECh SIIOKCHIHBIX CMOJI
OnoH-Apangur (Sigma-Aldrich, CILIA). YnbrpaToHkue cpe-
3bI TIOJTy4asiu Ha yiasTpaTome Leica UC7 1 KOHTpacTHpOBAIN
MOCJIEIOBATEIBHO ypPAaHMI-alleTaTOM M IIUTPaTOM CBHHIA.
AHanu3 npenaparoB MPOBOJMIN HA IIPOCBEUHBAIOIIEM JIEKT-
porom mukpockore 40—120 kB JEM-1400, ocHameHHOM
kamepoir Olympus-SIS Veleta, B PecypcHom 1ieHTpe pa3Bu-
THSI MOJIEKYJISIPHBIX M KJI€TOUHBIX TexHosorui C.-IlerepOypr-
CKOT'0 TOCYAApPCTBEHHOI'O YHHUBEPCHUTETA.

PesynbTatnl

Ocobennoctu Jokanuzanum 6enka SBR (Dm
NXF1)B sfineBrX KaMepax, ONJIONOTBOPECHHOM
sSsile ¥ CHHIUTHAaJIbHOM dMOpuoHe D.melano-
gaster. Ilockonbky u3BectHoi ¢pynkiuerdr SBR (Dm NXF1)
aBisieTcs skenopT OonpmuHcTBa MPHK 13 simpa B riuromuiaz-
My, OKH/IaeMast JIOKIN3aIHs 3TOro Oerka — sApOo U siiepHas
obomouka. Pacnipenenenne 6eikxa SBR B siinieBoii kamepe co-
OTBETCTBYCT HAa3BaHHOH (YHKIMH M OTpakaeT (PyHKIMOHA-
JBHOE COCTOSIHME XPOMOCOM B SiipaX MHUTAIOUIUX KJIETOK U
oouute (puc.2). B TpaHCKpUNIIMOHHO-HEAKTUBHOM OOIUTE
6emok SBR HaxomuTcs TONBKO B UTOIUIA3ME, a TePMUHAIb-
HBIA my3sIpek O6emka SBR He comepxkut (puc. 2, 6). Tpanc-
KPHIIIMOHHO-aKTHBHBIC SI/Ipa MUTAIONINX KJIETOK, HAIIPOTHB,
oboramensl OenmkoM SBR, KOTOpBIN KOHIIGHTpUpPYETCS B
sIpe, 3aHMMasi Y4acTKH, CBOOOJHBIE OT XpoMaTHHa (puc. 2,
0). IlpucyrcrByer Oenok SBR u B 1uTOIUIa3Me MHUTAOIIAX
kiaeTok. bemox SBR Moxer 3amacatbCsi M COXPaHATHCS
B OOLIUTE, /ISl TOTO YTOOBI 3aTE€M UCIIOIB30BATHCS B CHHIUTH-

anpHOM SMOpHoHe. B mepmon pa3BuUTHS SHILEBBIX Kamep
6enox SBR pacmpenensercst B UTOIIa3ME OOLUTA OTHOCH-
TEJILHO PaBHOMEPHO.

B omtonorBopenHoM sidtie 6emok SBR takke pacmpese-
JIeH paBHOMEPHO, a B MEPHOJ] MEPBBIX ACICHUH IpoOIeHuUs
HaXOJWTCSl B LUTOILIA3Me, MAPKUPYsl 00JIaCTH BEpETEHa Jie-
nerns (puc.3, a, 06). Ha Gonee mozmamx cramusax (OHK-
me1 10—12), mocne MuATpanuu saep K nepudepuu sifina, Mox-
HO BHUJICTh OTHOCHUTEJIBHYIO CTPYKTYPHYIO 000COOJIEHHOCTBH
OUTOIUIa3MAaTUYCCKUX JOMCHOB, IPUHAJICKAINUX OTACIIb-
HBIM Aapam (puc. 3, 2). BMecTe ¢ TeM CHHXPOHHOCTb, ITPOSIB-
JSFOIIAsACS B TOM, YTO BCE Apa CHHINTHSA OJHOBPEMEHHO Ha-
XOAATCS HA OHOW M TOM )K€ CTaANH SePHOTO LHUKIIA (pHC. 4,
@), TIO3BOJISICT TPENINONIAraTh CyIIECTBOBAHHE CBS3U MEXKIY
HHUMHU.

B cuHumTHaneHbIX dMOpuoHax D. melanogaster 6enox
SBR nokanuzyercs HCKIIOYUTENBHO B IUTOIIAa3Me, IIOCKOIIb-
Ky €ro (yHKIHs B KauecTBE SAECPHO-IUTOIIA3MAaTUIECKOTO
tparcnoptepa MPHK He sBiIseTcs BocTpeboBaHHOI H3-3a OT-
CYTCTBUS TPAHCKPHITIMKA. MBI HE BUJUM KOHIIEHTPHPOBAHMS
9TOro OejKa Ha MoJIocax sila Win paHHero aMOpuoHa. B me-
pHox JienieHus siiep SMOpHoHa 0osiee BHICOKast KOHLEHTPALHS
6enka SBR BunHa B paiioHe BepeTeHa aeneHus (puc. 3).

Mp! oOpaTnny BHUMaHHE Ha TO, YTO B CHHIUTHAJIBHBIX
ambpuonax D. melanogaster 6enok SBR (Dm NXF1) mo3Bo-
JSIET BBIABIATH KOJIBIICOOpA3HBIE CTPYKTYPBI AHAMETPOM
oKoJI0 | MKM, pacroyio)XeHHbIe 10 nepudepry UTOIUIa3Ma-
TAYECKUX JOMCHOB, MPHUHAMICKAIIUX OTCJIbHBIM SApaM
(puc. 5).

Ocob6ennoctu nokanuszanuu 6enka SBR (Dm
NXF1)B uncrtax ceMeHHUKOB D.melanogaster.
B npouiecce cnepmarorenesa y D.melanogaster BIIIOTH 110
00pa3oBaHMsl IMCTHI, COCTOSIIEH M3 64 KIIETOK, KOJIbIIEBBIC
KaHaJIbl, BO3HUKIIIKE BCIEICTBHE HETIOJIHOTO ITUTOKHUHE3A, CO-
XpaHsIoT CBs3b Mexy kierkamu (Carmena et al., 1998). be-
1ok SBR B ucTax B OCHOBHOM BBISIBIISIETCS B sIApax CliepMa-
TonuToB (puC. 6) mwiu cnepmatuy. [IpucCyTCTBYeT OH U B ITH-
TOIUTa3Me, TNPHYEM B OTHEIbHBIX IMCTaX B CEMEHHHKAX
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Puc. 3. OMOpuon Drosophila melanogaster Ha paHHEW CTaguH Pa3BHUTHUS.

a— oxpacka IHK (cunuii ysem DAPI); ssppa sMOpuoHa nensTcst CHHXpOHHO (cTagus anadassl MUTO3a). 6 — 6enok SBR (okpacka antu-SBR, BropuuHble aHTH-

Tesia MeueHbl Alexa Fluor 488), nprcyTcTByeT B LUTOIIIa3Me U MAPKUPYET 00J1aCTh BEpETeHa JTICHHS. 6 — COBMEILECHHE N300paXKeH . 2 — IMOPHOH Ha cTa-

MM epeMEeNIeHHs siiep B 0071aCTh KOPTHKAIBHOTO CJIos siina, coBMmemienne okpacok JJHK (cunss) n 6enka SBR (3enenan); pacnpenenenue 6enka SBR B cun-
LUTHAIBHOM 3MOPHOHE MO3BOJISIET YBUIETh 000COOICHHOCTD SIICPHBIX TEPPUTOpUil. Macuimabnwiii ompe30k — 75 MKM.

D. melanogaster y oco0Oell IUKOrO THUIla MOXHO BHUICTH
CTPYKTYpPHI B BHJIE KOJIEI, KOTOPbIE 10 pa3Mepy U Pacroiio-
JKSHHIO TTOXO0KH Ha KOJBIIEBEIE KaHATHI (pHC. 6, 8). [Tockomnb-
KY OTH KOJIBIIEBBIC CTPYKTYPHI BUIHBI HE B JIFOOOU ITUCTE, MBI
monaraeM, 9to SBR He sBIsIeTCS CTPYKTYPHBIM OSITKOM KOJIb-
LIEBBIX KAHAJIOB, CKOPEE BCEro, OH MPUCYTCTBYET B UX COCTa-
BE€ B ONPE/ICICHHBIC MEPHOAbl CHHIIUTHAIIBHOTO Pa3BUTHS —
0 MOMEHTa TPAHCISAIHWK COOTBETCTBYIOIIMX BPEMEHHO
Herpancaupyemblx MPHK. Benku, BXozsiue B cocTaB KOMII-
nexca MPHII, oOBIYHO ITOKHIAIOT KOMIIIEKC, OCBOOOKIast
MPHK st Tpancisiium.

Ecnu 6enmox SBR BaxkeH 151 CHHIMTHAIBHOTO Pa3BUTHS
B CIIEpMATOreHe3e, ero HapyIIeHHE y MYTAaHTOB, BBI3BIBAIO-
ITUX MYKCKYIO CTEPUIBHOCTD, MOKET IPUBOIUTH K aHOMAJIH-
siM cuHIUTHS. ClleAyeT OTMETUTb, YTO Pa3BUTHE KIETOK CHH-
LIUTHS TPOUCXOINUT YIAUBUTEIBHO CHHXPOHHO W B HOPME BCE

KJIETKH LUCTHI MOP(OJIIOTHYECKH BBIMJIAIST IPUOIU3UTEIEHO
OJIMHAKOBO (pHC 7, @). DNEeKTPOHHO-MHKPOCKOITMYECKUI aHa-
JIM3 TIOKa3bIBaeT, YTO y MyTaHTa sbr/2 ¢ My>KCKOH CTEpHIIBHO-
CTBIO HapyLICHHs LUTOKWHE3a Ha CTAJUH YUIMHEHHS CIIep-
MaTuj Haubojee XapakTepHsl (puc. 7, 0, 8), 4acTo BCTpeya-
IOTCSI  LMCTBI, COCTOSIIIME W3 KIETOK C  Pa3IMYHOM
Mopdodoruei (puc. 7, ), TOraa Kak B HOPME KJIETKU OIHOM
IUCTHl TPAKTUYECKU MIACHTHYHBI JPYTr IPYyry MO Habopy u
(hopme cyOKkIeTouHBIX cTPYKTYp (puc. 7, a). To, 9To KIETKH
CHHIUTHS y MyTaHTa sbr/? BBITIAAAT HEOJUHAKOBO, MOYKHO
paccmarpuBaTh Kak MPOSBICHHUE ACHHXPOHHOCTH. ACHH-
XPOHHOCTH KaK HapylleHHE BPEMEHHBIX ITapaMeTpoB HpoTe-
KaHHs TeX WJIN WHBIX MPOLECCOB MOXKET MPUBOJHUTH K TOMY,
YTO MpeoOpa3oBaHus CyOKIETOYHBIX CTPYKTYP B KaXKOM OT-
JeTIGHOM 3JIEMEHTE CHHLMTHS IIPOUCXOMAAT HE B COOTBETCT-
BUH C OOIIMM CLICHAPUEM, a [0 COOCTBEHHBIM IPaBHIIAM.
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Puc. 4. Yuactku smOpuona Drosophila melanogaster Ha CTaiuu CHHXPOHHBIX SICPHBIX JCICHHIA.

a— Bce s;ipa SMOPUOHA B IOTOMCTBE CAMOK IMKOT'0 THIIA HAXOIATCS HA CTa MU HHTEp(ha3bl. 6 — spa IMOPHOHA B IOTOMCTBE caMoK sbr/() pa3inyaroTces 1o pas-
Mepy 1 Gopme; pactpeencHue sAep HapyIIeHO, eCTh KMEPTBBIC 30HBI», B KOTOPHIX siipa otcyTcTBYIOT. JIHK okpamena DAPL. Macwuma6bneiii ompeszox —
10 MKMm.

Oobcyxaenue

MatepuHckuii 5pdekT rena shr u ero ponb
B CUHUMTHAJIbHOM Pa3BUTHU SMOPUOHOB D. me-
lanogaster. bompmmucTBO GenkoB n PHK, makammmBaro-
LIUXCS B MPOIIECCE OOreHe3a B OOLUTE, CHHTE3UPYETCS B IMH-
TAIONIMX KJIETKaX W TPAHCIIOPTUPYETCS B OOLMT MO MUKPO-
TpyOOUYKaM Ha paHHUX JTalax CO3pPEBaHUs SHIIEBON KaMepsbl
(Pokrywka, Stephenson, 1995) win ¢ MOTOKOM HUTOILTa3MbI
Ha nmo3auux sranax (Palacios, St. Johnston, 2002).

[IpucyrcrBue 6enka SBR B nuTomasmMe oonura u B paH-
HUX (CHHIIUTHANBHBIX ) 9MOPHOHAX, KOTJa HET TIOTPEOHOCTH B
siIepHO-IUTOILIa3MaTiHueckom skcriopre MPHK n3-3a orcyr-
CTBHSI TPAHCKPHIILUH, CBUJICTEIBCTBYET B MOJIb3Y BBICKA3aH-
HOTO HaMH TIPEIIONIOKEHHSI O TOM, 4TO (pyHKIMHU TeHa Dm
nxfl (sbr) HEe OrpPaHUYUBAIOTCS SJIEPHO-IIUTOIIA3MATHYIC-
ckum skcrioprom MPHK (Golubkova et al., 2009).

Henenust sinep B panHeM smMmOpuone D. melanogaster
MIPOUCXOAT OoueHb ObicTpo (kakabie 8—21 muH) (Kellogg
etal., 1988) u ynmuButenbHO cuuxpoHHO (Ji etal., 2004)
(puc. 5, a). Ilpu 3TOM AepHBIN UK PEAyIUPOBAH 10 ABYX

a3z — S (craguu penyrumkaunu JJHK) u M (Muto3a). Cun-
XPOHHOCTb IMOJIPa3yMeBaeT CYLIECTBOBAHUE CHCTEMBI, KOOP-
JUHUPYIOLIEH Mepexol OT OJHOM CTaquM sIEPHOrO LUKIA K
JpYroi M COOTBETCTBEHHO NMHAMHWYHBIE M3MEHEHHs LUTO-
CKeJIeTa.

BaxHO OTMETHTB, UTO MyTallMy TeHa sbr MPOSIBISIIOT Ma-
TepuHCKUH 3¢ ¢pexT. [IoTOMKM MyTaHTHBIX CaMOK HE3aBHCH-
MO OT T€HOTHUIIA OTI[Aa UMEIOT pa3IMYHbIC HAPYIICHUs paHHe-
ro sMbpuonagbHoro passutus (Golubkova et al., 2006). Cpe-
I HapyIICHUH BBIABIIAIOTCS: ACHHXPOHHOCTD JICJICHUS sA7ep,
UX pa3HbIA pazMep, 4TO CBUIAECTEIBCTBYET O PA3HOM COAEpIKa-
Hun JTHK 1 xpoMocoMHOM HecTaOMIIEHOCTH TIPH UX JICICHUH,
30HBI 0€3 s1/iep, 0OHAPYKUBAIOIINE CKOIUICHHS JIe30PTraHn30-
BaHHBIX XpoMocoM (puc. 4, 6). [lociennuii THII HapyIIeHUN
MOYET BO3HHKHYTh B PE3yJbTaTe MOTEPH CTPYKTYPHOU 000-
COOJIGHHOCTH LIUTOIUIa3MAaTHYECKUX JOMEHOB, NPUHAAJIeKa-
KX OTIACIBHOMY SAPY B SMOPHOHAIBHOM CHHIIUTHH.

OTcyTCTBHE KIICTOYHOH CTEHKH HE OTMEHSET OTHOCH-
TEJILHOH 000COOJIEHHOCTH LUTOIMIa3MaTHYECKUX JIOMEHOB,
MPUHAVISKAIIUX KaKAOMY APy CHHIUTHAILHOTO SMOproHa
(Karr, Alberts, 1986; Kellogg etal., 1988; Schejter et al.,

Puc. 5. OtmenpHOE AIp0O CHHIMTHATBHOTO SMOpPHOHA HA CTAAMH TpoMeTadaszbl.

a — oxpacka JIHK (cunuit ysem DAPI); 6 — oxpacka antu-SBR (3enenviii ysem — Bropsle anturena MedeHs! Alexa Fluor 488), cmpenxamu yxa3aHsl KOIbIie-
o0Opa3sHble CTPYKTYpPbI [0 Meprdepu sIIepHOi TEPPUTOPUH; 6 — COBMEILICHHE H300pakeHuit. Macumabnviii ompe30k — 5 MKM.
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Puc. 6. 3auatok cemeHHUKa y caMiloB Drosophila melanogaster Ha cTaguu TPEIKYKOIKH.

a — 6enok SBR (kpacnuwiii yeem, Bropbie antutena medensl Alexa Fluor 546) mpucyTcTByeT NpeMMyIIECTBEHHO B siipax; 6 — okpacka JJHK (cunui
ysem DAPI); 6 — coBMeIICHHOE H300paKECHUE 1 €T yBEIMICHHBIN (PParMeHT, BBIACICHHbIN pamkou. Ha yBenndeHHOM (pparMeHTe B IUTOILIA3ME CIICPMATOLIH-
TOB | mopsiaika BUIHBI KOJIbLIEOOPa3HbIE CTPYKTYPbI, IOKA3aHHbIE cmpenkamu. Macuimabnviii ompe3ok — 75 MKM.

1993; Stevenson et al.,, 2002; Frescas etal., 2006; Telley
etal., 2012). iIMeHHO OTHOCHTENBHOMN, TIOCKOJIBKY BCE SiApa
CHHIIUTHUS BeIyT ceOs COrTacOBaHHO, HAXOISICh OTHOBPEMEH-
HO Ha OJHOW W TOH Xe CTaAWd sSACpPHOTO IHKIa (puc. 4, a).
HecoMHEHHO, TaKyr0 YIHBHTCIBHYK) CHHXPOHHU3AIUIO 00eC-
[ICYMBACT CIMHAsI CHCTEMa IIUTOCKEJICTa, COXPAaHSIOIMAs U
HOI[I[Cp)KI/IBa}OH_IaH CBs3b Me>1<z[y OTACJIIBHBIMU J3JICMCHTAMU
cuammtus (Schejter, Weischaus, 1993; Foe et al., 2000). O60-
COOJICHHOCTh ITUTOIUIA3MATHYECKUX TOMEHOB KaKIOTO sapa
co3maeTcst Omaromapst CTPYKType, OOpa30BaHHOW IIUTOCKE-
JICTHBIMH OCJIKaMH, TPEKIC BCETO aKTHHOM U TYOYJIHHOM.
[{uToCKeneTHBIE CTPYKTYpPBl AMHAMMYHBI M, YTO OCOOEHHO

BaXXHO, CIIOCOOHBI PacTH (BOCIPOU3BOJIUTHLCS) W pacmpe-
JEISTHCST MKy JOYEPHUMH siipaMu (pa3MHOXKaThes). s
POCTa UTOCKENETa JOCTATOYHO HENTPEPHIBHO MOCTABIIATH Oa-
30BBIE MOJIEKYJIBI, CIIOCOOHBIC K ITIOJIMMEpH3aliH. ba3oBble
MOJIEKYJIBl MOTYT CHHTE3UPOBAThCA B 30HAX POCTa LIUTOCKE-
jgera Onarojapsi TPHUCYTCTBHIO TaM COOTBETCTBYIOIIMX
MPHK.

PHK-cBa3mBaromue 6enku B mpeobpaszoBa-
HUsAX nurtockeneta. Ilpu ananuze tpaHckpunroma Xe-
nopus laevis uaeaTUGUIIEPOBaH 0coObIi Ki1acc PHK, cBs3an-
HBIX ¢ anmapatom aenerus (Blower et al., 2007; Sharp et al.,
2011). 9tu MPHK cooTBeTcTBYIOT reHam, KOHTPOJIUPYIOIIUM
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Puc. 7. Ilonepeunslii cpe3 MUCTHI U3 64 KIETOK HA CTaJUH YIUIMHEHUS criepmatun y Drosophila melanogaster. DnexTpoHHasE MUKPOCKO-

.

a — KOHTpOJIb (camitbl TuHUK Oregon R); B KaXI0H CriepMaTHJie €CTh aKCOHEMa (yKa3aHa cmpeKoil) U CBA3aHHbIE C HeH MUTOXOHIPUAJIbHbIC IPOH3BOIHbBIC

(yKa3aHBbl 20108KaMl CMPeENok). 6, 6 — cepMaTUAbl caMuoB sbr12/Dp(1;Y)y*v. Manoe n 601b110€ IPOH3BOJHEIE MUTOXOHIPUH BapbHPYIOT 110 pazMepy, hop-

M€ U CTPYKTYpe (OT/CNbHBIEC CIIEPMATHIbI JIMIICHBI MUTOXOHIPHAIBHBIX TPOM3BO/IHBIX ); CIIEPMATH/Ibl YACTO HE PAa3/ICJICHBI Ha OT/IEIbHbIC KICTKH; BCTPCUAKOT-
Csl aHOMAaJIMU CTPYKTYPbI aKCOHEMBI (8, cmpenka). Macwmabnuiii ompesox — 200 (a, 6) u 500 (8) HM.

KJICTOYHBIE JeJIeHns, oOpa3oBaHue BEpeTeHa M Npeoldpaso-
BaHMs XpOMaThHa. BakHO OTMETHTB, YTO JJIsl MTOCTPOCHUS
BepeTeHa JeneHus HyxeH komrieke PHIT, cogeprkanuii Ge-
nok Rael (Blower et al., 2005), KOTOpBIN NPUCYTCTBYET U B
cocraBe komiuiekcoB PHIIL, copepxammx Oemok TAP
(Hs NXF1) uenoseka (Blevins et al., 2003). benok TAP sBis-
etcst oprosiorom Oenka Dm NXF1 (SBR) D. melanogaster.
Amnanu3 pacripenenenus paznuaabix MPHK B amOpuonax
D. melanogaster ¢ ucnonp3oBaHUEM MeToza (IIyOpEeCLEeHT-
HOW ruOpuamM3anuu in situ mokasain, uto Ooixee 70 % wc-
clenoBaHHBIX TeHoB KomupyroT MPHK, mmerommme ompene-

JIeHHYI0 cyOkierounyto nokanmmzammio (Lécuyer et al., 2007).
Takue MPHK, Ha3zBaHHBIC JTOKaJW30BaHHBIMH, ITO3BOJISIFOT
OCYILECTBIIATh PEryJIUPYEMbId CHHTE3 COOTBETCTBYFOILIETO
OeJka HeToCPEICTBEHHO B TEX MecTax, Iie OH Hy»xeH (Bashi-
rullah et al., 1998; Gaspar, 2011; Medioni et al., 2012). Ha-
MpuUMep, y MO3BOHOYHBIX POCT aKTUHOBBIX (DPUOPHILT YacTo
CBSI3BIBAIOT ¢ HeoOxoaumocThio Tpancisiiuu MPHK actin B
palioHe pacTyIlero akKTHHOBOTO KOHYCa B OTPOCTKAaxX HEPB-
HBIX KJIeTOK (Zhang et al., 1999) win nmunupyromeid KpOMKH
sMOpHOHaANBHBIX (GuOpodiacToB mpiienka (Sundell, Singer,
1991; Condeelis, Singer, 2005). Jlokanu3oBaHHasI TpaHCIIsI-
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s n3BectHa u s MPHK, kogupyrommx 6enkn KoMIuiekca
Arp2/3 (actine related protein), y9acTBYIOIIETO B TOJTUMEPH-
3aruu aktuHa (Mingle et al., 2005).

Bce aneMeHThI UTOCKEIETa TUHAMUYHO M3MEHSIOTCS B
3aBUCHMOCTH OT CTaJuH siaepHoro mukia. [lepen nenenuem
sZIep MHUKPOTPYOOYKM BEpETeHa pacTyT B CTOPOHY XPOMO-
COM, a aCTpaJIbHBIE — B CTOPOHY aKTHHOBOH (PHOPIILIAPHON
000JI09KH, OTPaHIMYMBAIOIICH IUTOIIIa3MAaTHYECKNE JOMEHBI,
NIpUHAUISKAIINE OTIENBHBIM siapam. [locie nenenus snuep
CHUHLIUTHS HACTYIIAET MEPUo pocTa GUOPHMILIIPHOR 000I109-
KM IIUTOIUIA3MATHYECKOTO JIOMEHA ¥ TYOYJIMHOBOTO IIUTOCKE-
nera. BaKHbIM MOMEHTOM SIBJISIETCSI YCTaHOBIICHHE CBSI3H,
KOTOPYIO 00€CIeYnBalOT MHUKPOTPYOOUKH, MEXAY KOMIIO-
HEHTaMHU siapa u (GuOpmIIApHO 0007I0YKOH, a B paifioHe
GUOPMIIISIPHOI 000JIOYKH — MEXTy COCEJAHUMHM IIUTOILIA3-
MaTH4YEeCKUMHU JJOMEHAMH. JTO MO3BOJISIET BCEM JJIEMEHTaM B
CUHLUTHU YCTaHOBUTH KOHTAKT OJylarojapsi oOpa3oBaHHIO
€JIMHOM UTOCKeNeTHOM ceTh. TakoMy B3aUMOJEHCTBUIO MO-
TYT CIIOCOOCTBOBATh CTPYKTYPBHI, 3aXBaTHIBAIOLINE U CTaOH-
JM3UPYIOIINE acTpajIbHBIE MUKPOTPYOOUKH, PAcTyIlNe B Ha-
npaBiIeHNH GUOPMILISIPHOI 000JI0YKH B CMEKHBIX IUTOTIIA3-
MaTHYeCKUX JOoMeHax. biaromapst KOHTaKTy IUIFOC-KOHIIOB
acTpaJbHBIX MUKpPOTpyOOUeK B paiioHe (puOpmIsipHOi 000-
JIOYKH, Pa3elsioell COCeIHIE UTOIIa3MaTHYECKUE JIOMe-
HBI, 00€CIIEUNBACTCS HETPEPHIBHOCTD LIUTOCKETIETA 110 BCEMY
SMOpHOHY, HEOOXOaMMast JJIsl TIepeadll KOMaH (bl BCEM dJie-
MEHTaM B CHHIIUTHU OJJHOBPEMEHHO MEPEUTH OT MeTa(asbl K
anacgaze. Ocoboe 3HaUeHUE MPU I3TOM MMeeT (PYHKIHOHAb-
HOE B3aMMOJICHCTBHE MHUKpPOTPYOOUYEK M aKTHHOBBIX (HO-
pwin (Goode et al., 2000; Straight, Field, 2000; Rodriguez
et al., 2003; Grill, Hyman, 2005; Riparbelli et al., 2007).

[TpearnonoxeHne O CyIIECTBOBAHWM ITOTEHINAIBHBIX
caiiToB, 0OECIEUNBAIOIINX TAaKOE B3aWMOJCHCTBHE, BBICKa-
3pIBajioch HeopHokpatHo (Goode et al., 2000; Mimori-Kiyo-
sue, Tsukita, 2003; Minestrini et al., 2003; Tamura, Draviam,
2012). CornmacoBaHHOH pETYJSAIMN BCEX OSJIEMEHTOB CHH-
LUTUSL CIIOCOOCTBYET TO, YTO CBSI3BIBAEMBIC IUTOCKEIETOM
LIEHTPOCOMBI, KHHETOXOPHI U TOBEPXHOCTHBIEC IMTOILIA3MA-
THUYECKHE aKTHHOBBIC (PUOPHIIBI SIBIISIFOTCSI MECTOM PacIIofio-
YKEHHsI CUTHAJIbHBIX MOJIEKYJI, KOTOPBIE PEryJIHPYIOT CHHXPOH-
HBIM IIepexoj]] OT OJHOW CTaJuu SACPHOr0 LHUKIA K JApyrou
(Carmena et al., 1998; Giansanti et al., 2001; Minestrini et al.,
2003).

06 ygactum 6enka SBR (Dm NXF1) B popmupoBanmm
LIUTOCKEJIETa CBUJICTEILCTBYIOT IIOJTyUYCHHBIC HAMH pe3yJIbTa-
Thl aHaJM3a IIEPBOTO JEJIEHHs MeHo3a B OOLMUTaX CaMOK
D. melanogaster, Hecylmux pa3Hble COUYETaHUs aJUIeel reHa
sbr (Golubkova et al., 2009). DTu HaHHBIC COTIACYIOTCS C
TEeM, 9TO MyTallH TeHa sbr IPUBOIAT K XPOMOCOMHOH HecTa-
ownpHOCTH (HukutnHa u 1p., 2003). Cneqyer oOpaTHTh BHU-
MaHHe Ha T0, 4To 6enok SBR (Dm NXF1) otimaaercs ot op-
Tosorn4HeIx 6ekoB NXF1 tem, 4To MOMUMO pacIioioKeHus
B sIZIpE€ MJIM B sIZIEPHOI 000JI0UKE OH MPUCYTCTBYET U B LIUTO-
nnazme (Auankuna u ap., 2010).

YV MIIEKONIUTAIOMNX IUTOIUIA3MaTHUECKasl JIOKaIN3aIHs
XapakTepHa U1 OelkoB-mapaioroB cemeiictBa NXF, koTo-
pBle HaxomsTCs B KJIETKE B BHJE rpanyi. Ilokasano, 9ro Gen-
kr MMNXF2 1 MmNXF7 MbImu B3anMOACHCTBYIOT C Oel-
koM MAPIB (microtubule-associated protein) (Tan et al.,
2005; Tretyakova et al., 2005). DToT O€NOK CTAOHIM3UPYET
MukpoTpyboukn (Vandecandelaere et al., 1996; Tortosa et al.,
2013) 1 B HEpBHBIX KJIETKAX MBIIIN HEMOCPEICTBCHHO B3aH-
MOJICHCTBYET ¢ OeiKaMu, MapKHPYIOIIUMH WX IUIIOC-KOH-
usl, — EBI1 (end binding ) u EB3 (Tortosa et al., 2013).
MmNXF2 B3aumogeiictByer ¢ KIF17 (kinesin superfamily

protein) — MUTOMIA3MATHYECKUM MOTOPHBIM OEITKOM U3 ce-
MeticTBa kuHe3nHOB (Takano et al., 2007). benku KIF ygact-
BYIOT B TPAHCHOPTE OPraHeT U OEIKOBBIX KOMIUICKCOB ITO
ceTH MUKpOTpyOouek B kietke (Miki et al., 2001). Henb3s 3a-
ObIBaTh U O TOM, 4TO y uesioBeka O6enoxk Hs NXF1 usnavasnnb-
HO ObUT HACHTU(DUITIPOBAH KaK (GaKTOp KICTOUHON afre3uu 1
momyqwt Ha3zBaHue TAP (tip associated protein, rae tip — ty-
rosine kinase interacting protein) (Yoon et al., 1997). Oto mo-
JKET CBHUJICTEILCTBOBATH O MpucyTcTBHN Oenka TAP B cocra-
BE KOMIUIEKCOB, COJICPKAIINX CUTHAIIBHBIE MOJIEKYJIbI Ha Tie-
pudepun KIeTKu.

I{urockener — 9T0 TMHAMUYHOE 00pa3oBaHUE, OH COOU-
paetcs u paz0mpaercs, obaamas cmocoOHOCTRIO K caMochop-
ke (Job et al., 2003). MukpoTpy60uKy 001a1aI0T BHYTPECHHEH
TIOJISIPHOCTBIO, MMeEsl TUTIOC- M MUHYC-KOHIIBI. boiee nuHa-
MHUYHBIM, WJIN PAacTYyLIUM, SBJSIETCS IUIIOC-KOHEU. BaxHei-
UMK OesTKaMM, YYaCTBYIOIIMMH B IPOILIECCE POCTa MUKPO-
TpyOouek, siBisitoTes Oenku MAP (microtubule associated
protein) W IUHAKTUH-TAHEWHOBBIN OENKOBBIM KOMILUIEKC
(Hayashi et al., 2005; Akhmanova, Steinmetz, 2008). Kom-
JIeKc OEJKOB, BOBJICUCHHBIN B 0OecIieueHre pocTa MUKPOTPY-
0oYek Ha IUTIOC-KOHIE, moyumn HasBanue +TIPs (plus end
tracking proteins) (Schuyler, Pellman, 2001; Howard, Hy-
man, 2003). DTOT KoMITTIeKC OETKOB 00eCTIeYnBaET HE TOIBKO
pocT TpyOoUeK, HO U X B3aMMOJICHCTBHE C PA3TUIHBIMU CYO-
KICTOYHBIMH cTpykTypamu (Maurer et al., 2012).

B cocTtaB koMIurekca BXOAWT JBOJIONMOHHO KOHCEpBa-
TUBHBIH Oenok EB1, urparonuii BaskHyto posb B popmupoBa-
HUM BEpeTeHa JeJICHHs B PaHHUX AMOpPUOHAX JPO30(HIIBI
(Rogers et al., 2002). benok EB1 crocoden B3anMoaeicTBO-
Bath co MHOruMH Oenkamu (Akhmanova, Steinmetz, 2008;
Maurer et al., 2012). MccneqoBanue MOJICKYIISIPHOI CTPYKTY-
pBl OCJKOB MIJIEKONMTAIONINX, B3aUMOJEHCTBYIOMMX ¢ Oe-
koM EB1, moka3aino, 4To OOIUM [JIsS 9TUX OEJIKOB SIBISETCS
NPUCYTCTBHUE IOCIIEIOBATEIbHOCTH U3 YETBIPEX aMHUHOKHC-
JIOT $-ip, B KOTOpOU s — serine, i — isoleucine, p — proline, a
Ha MecTe nedrca — mobas amuHokucaoTa (Honnappa et al.,
2009). Dta mOCIEIOBATENBHOCTh IIONyYMIa HAa3BaHHE
MtLS — microtubule tip localization signal. Cnexnyer orme-
THUTb, YTO JBE IOCJeq0BaTeIbHOCTH MLS mpucytcTByror B
6enke SBR (Dm NXF1) (Golubkova et al., 2012), Ho ux HeT B
6enmke Hs NXF1 mnmu Mm NXF1. [Taptaeps! 6enka SBR B -
TOIJIA3ME OCTAIOTCS HEM3BECTHRIMU. Hecydalinas nokannsa-
mus 6emka SBR B muTomazMe moapasymeBaeT ero 0cooyio
POJIb B KJIETKE, a HAJIMYKME B 3TOM OeKe 2 MociIea0BaTeIbHO-
creit MtLS npuBoanT K He0OXOIMMOCTH OTBETA HA BOIIPOC O
ToM, siBisiercst u O6enoxk SBR mapthHepom daxropa EBI y
JPO30(h UL

MpI mpearonaraeM, 4TO KOJIbIIEOOpas3HbIE CTPYKTYPHI B
CHHIUTHAIILHBIX dMOpHoHax D. melanogaster, KOTOpble BUA-
HBI Oarosapsi MpuUCyTCTBUIO B HUX Oenka SBR, MoryT ObITH
LIUTOCKEJIETHBIMU 00pa30BaHMSIMHU, B3aUMOICHCTBYIOIIMMU C
TUTIOC-KOHLIAMH acTPaJIbHBIX MUKPOTPYOOUYEK, HOAXOASIIMMHI
K HUM M3 COCEJHUX IMTOIUIa3MaTHYeCKUX JOoMeHOB. KoJb-
1eoOpa3Hble CTPYKTYPbI, TI0 HAIIEMy IPEANOIOKECHHIO, SIB-
JSIFOTCSL caliTaMM, 3aXBaTHIBAIONIMMHU W CTAOMIM3HPYIOIIH-
MH IUTIOC-KOHIBI MHKpOTpyOouek. CyliecTBOBaHHE TaKUX
CaliTOB IO3BOJISIET BCTYNaTh B KOHTAKT MHKpPOTpyOOYKam,
HOAXOSIIIMM C Pa3HBIX CTOPOH K aKTHHOBBIM (hUOpHILIaM,
pa3leNsIoIUM CMEXHBIE [UTOINIA3MAaTHUYECKHE JIOMEHBI, H
(hopMHpPOBaTh HENPEPHIBHYIO IIUTOCKIETHYIO CETh, KOHTPO-
JMPYIOIIYI0 CHHXPOHHOE BCTYIJICHUE SJIEP B MUTO3 U BBIXOJ
13 HETO.

CUHXpOHU3ANHUS MNPONECCOB CHHIUTHAIb-
HOTO pa3BUTHUS B crnepMmartoreHese D.melano-
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gaster. KonbLeBol kaHaI — 3TO KaK cJeJl Ha KIETKE, OCTa-
fomuiics nmocie nurokuHesa (Carmena et al., 1998). 13 Gen-
KOB, YYaCTBYIOIIMX B  HENOJHOM LHTOKMHE3E C
00pa3oBaHKEM LIUCTHI T€HEPATUBHBIX KJIETOK Y CaMIIOB JPO-
30(HIIbI, MPUCYTCTBYIOT aKTHH, aHWIIMH, CENTUH (peanut),
pa3IMyHbIe MPOTEMHKHUHA3bl M (HaKTOPBI, B3aUMOJICHCTBYIO-
e ¢ MukpoTrpyboukamu (Giansanti et al., 2001). V cammon
B CTEHKY KOJIBLIEBOTO KaHaja akTWH He BxoauT (Hime et al.,
1996). B nepuoa MHAMBUIyaIM3alUUA ClIEPMAaTH]l CUHIUTHI
obecrieunBaeT CHHXPOHHBIE IPEOOPa3OBaHUsI AKTHHOBBIX
(uOPHILT PY IBMYKEHUU aKTHHOBBIX KOHYCOB, YTO HPUBOIMT
k paspymenuto cunuutus (Fabrizio etal., 1998; Noguchi,
Miller, 2003).

OnHO M3 OCHOBHBIX 0COOCHHOCTEH CHHIIUTHAILHOTO Pa3-
BUTHS — 3TO CHHXPOHHW3AIMS INPOIECCOB, MPOTEKAIONINX B
KaXJIOM dJIEeMEHTE CHHIMTHS. Bce sapa cuHIMTHS Hpexie
BCETr0 CUHXPOHHO MPUCTYHAIOT K AEJICHUIO, MOy4asi CUTHAJ,
MpeaaBaeMbli MO dJIeMEHTaM IUTOoCKeneTa. J{Jst Toro 9roosn
Takoe ObIIO BO3MOJYKHO, LIUTOCKEJET JOJDKEH 0o0lanarh He-
MIPEPHIBHOCTHIO 110 BCEMY CHHIUTHIO, COXPAHSSA CBSI3b C S1-
POM KaXK/I0TO dJIeMEHTa CHHIMTHS. Ecim cBA3bp Mexmy oT-
JIeTIbHBIMU DJIEMEHTAMU CHUHIUTHS TPEPBhIBACTCS, DJIEMEHT,
YTPATUBILHH CBSI3b, TEPSET CIIOCOOHOCTH Pa3BUBATHCS B YHU-
COH C OCTAIbHBIMU. Takue HapyIIeHHs B CIIEpMaTOreHe3e
y D. melanogaster MOTYT NIPUBECTH K AHOMAJIUSIM IPOLEC-
ca MHIMBHIyAJIN3alMN cliepaMaTH]l, a B SMOpHOreHe3e — K
SMOpHOHAIBHON cMepTHOCTH. POpPMHUpPOBaHHE IpEiCTaBIIC-
HUi 0 HeoOxoaumoctH npucyrcerBust PHK mpu npeobpasosa-
HUSX [UTOCKENIETa, B OCOOCHHOCTH B IIEPUObI TPAHCKPHITIH-
OHHOM pemnpeccuy, npuBiekaeT BHUManne k PHK-cBs3bIBato-
muM  OenKaM, COXPAHSIOUIMM 3Ty CBSI3b B IIMTOILIA3ME.
[pucyrcrBue 6enka Dm NXF1 He TONBKO B sSiApe WA siep-
HOW 000JI0YKE, HO W B IUTOIUIA3ME B COCTABE I'PaHyJ HIIH
CTPYKTYpP MOKeT (PyHKIMOHAJIBHO CBsI3bIBaTh Oeaok Dm
NXFI1 ¢ anemMeHTaMM LUTOCKETETa. DTO COTIACyeTCs C U3Be-
CTHBIMH JIJISl MYTaHTOB I10 T€HY shr HapyIICHUsIMHA BEpEeTeHa
Mei03a, MOSBICHHEM IOTOMKOB C HApyIICHHBIM HabOpOM
XpOMOCOM, XapaKkTEPHBIMH aHOMAJMSIMH SMOPHOHAIBHBIX
MHTO30B M CIIEpMAaTOreHe3a, T. €. HAPYIICHUSMH, BBI3BaH-
HBIMH TJIaBHBIM 00pa30oM HM3MEHEHHSMH CTPYKTYpP IIMTOCKE-
neTa.

3aknwyenue. [Ipucyrcreue 6enka SBR (Dm NXF1)
B SIIpax MUTAIOIINX KJIETOK B AHIEBBIX Kamepax y D. melano-
gaster W €ro OTCYTCTBHE B TPAaHCKPHUIIIMOHHO-HEAKTHBHOM
TePMHUHAIBHOM ITy3BIPbKE COTJIACYIOTCS C M3BECTHOM (PYHK-
LUel 9TOro OenKa — ero y4yacTHeM B sIEpHO-IUTOIONIa3Ma-
tudeckoM 3kcropre paznuunbix MPHK. Hakomnenne MPHK
sbr B ooreHe3e MOKHO ObIJIO Obl OOBSICHUTH OTCPOYCHHOIT MO~
TpebHOCTRIO B O6enke SBR, Bo3HMKaroMIeH ¢ HauamoM TpaHC-
KPHIIIUH 3UTOTHYECKHUX I'eHOB. [lorydeHHbIe HaM1 pe3yJbTa-
TBI CBHJICTEIILCTBYIOT O CYIIECTBOBAHHH CIICIIMAIN3UPOBAH-
HbIX QyHKUUH rena Dm nxfl (sbr) y D. melanogaster. Cpenu
9TUX QyHKIMI — yyacTue B JOPMUPOBAHUU U JUHAMUYHBIX
HM3MEHEHHSAX ITUTOCKENIeTa, UTPAIOIINX OMPEISIISIONIYI0 POJIb
B IEPHOABI CHHLIUTHAIBHOTO pa3BUTHSA. B moib3y Takoro
MIPEATNIONOKEHHUST  CBUACTENLCTBYIOT — CIEAYIOIINE (DaKTHI:
1) maTepuHCcKHi 3((exT MyTanuii 3TOro reHa, MpPOSBISIO-
LIMACS B HapyLIEHUW CHHXPOHHOCTH SJICPHBIX JICJICHUH B
CHHIMTHAJILHBIX IMOPUOHAX, M XapaKTepPHOE pacipe/ielieHue
Oenka SBR B 1nuroruiazmMe B 3TOT MEPUO SMOPHOHAIBHOTO
pa3BUTHS; 2) XapaKTepHbIE HAPYIICHUS CIIEPMUOTEHE3a y My-
TaHTa sbr!2 ¢ TOMHUHAHTHOW MY’>KCKOH CTEpPHIBHOCTBIO, CBS-
3aHHOH ¢ OTCYTCTBHEM IOJBHKHBIX CIIEPMAaTO30MIOB, U CY-
IIECTBOBAaHNE LUTOIUIA3MAaTHUECKUX CTPYKTYp, OOOTrarieH-
HbeIX OenkoMm SBR, B mucTax ceMEHHHKOB.

ABTOpEI TIpHHOCAT OnarofgapHocTh coTpynaukam L[KII
«Xpomacy (LleHTp HcciaemoBaHUS yIbTPACTPYKTYPHI H MO-
JEKYJSIPHOTO cocTaBa OMOJIOTMYECKHX OOBEKTOB IPH OHO-
noruueckoM (akynprere C.-IlerepOyprckoro rocymapct-
BEHHOTO YHHBepcHTeTa) W PecypcHoro meHTpa pa3BUTHS
MOJICKYJISIPHBIX M KJIeTOYHBIX TexHomorui C.-IlerepOypr-
CKOTO TOCYAapCTBEHHOT'O YHUBEPCHUTETA.
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THE ROLE OF sbr/Dm nxfl GENE DURING SYNCYTIAL PERIODS OF DEVELOPMENT
IN DROSOPHILA MELANOGASTER

E. V. Golubkova,! A. A. Atsapkina, L. A. Mamon

St. Petersburg State University, Department of Genetics and Biotechnology;
I e-mail: elena_golubkova@mail.ru

The syncytial development is a feature of early embryogenesis and spermatogenesis in Drosophila melano-
gaster. All elements of syncytium are interconnected by single cytoskeletal network that enables equal conditi-
ons and provides synchronic development. The cytoskeleton is essential for the formation and functioning of
the mitotic spindle, cytoskeletal elements are the main structural component of cilia and flagella. Intra- and in-
tercellular transport, morphogenesis processes depend from cytoskeleton on both within a single cell, and at
the level of the whole organism. The sbr (small bristles) gene of D. melanogaster belongs to the NXF (nuclear
export factor) evolutionarily conservative proteins family. Gene Dm nxf1 (sbr), as well as its orthologs in other
organisms, controls the export of poly(A)-containing RNA from the nucleus to the cytoplasm, and the corres-
ponding proteins are usually localized in the nucleus or in the nuclear envelope. For SBR protein we have
shown the localization not only in the nucleus, but in the cytoplasm marking of characteristic cytoplasmic struc-
tures. A breach of the cytoskeleton in the sbr (Dm nxf1) mutant in D. melanogaster shown by us and cytoplas-
mic localization of the protein SBR allow us to link the specific functions of this protein with the dynamics of

the cytoskeleton.

Key words: small bristles, nuclear export factor 1, Drosophila melanogaster, embryogenesis, spermato-

genesis, syncytium, cytoskeleton.



